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Abstract
Degraded areas constitute challenging tasks with respect to sustainable management of natural resources. 
Maintaining or even establishing certain successional stages seems to be particularly important. This paper 
presents a model of the succession in five different types of degraded areas in Poland based on changes 
in the carabid fauna. Mean Individual Biomass of Carabidae (MIB) was used as a numerical measure for 
the stage of succession. The run of succession differed clearly among the different types of degraded areas. 
Initial conditions (origin of soil and origin of vegetation) and landscape related aspects seem to be impor-
tant with respect to these differences. As characteristic phases, a ‘delay phase’, an ‘increase phase’ and a 
‘stagnation phase’ were identified. In general, the runs of succession could be described by four different 
parameters: (1) ‘Initial degradation level’, (2) ‘delay’, (3) ‘increase rate’ and (4) ‘recovery level’. Apply-
ing the analytic solution of the logistic equation, characteristic values for the parameters were identified 
for each of the five area types. The model is of practical use, because it provides a possibility to compare 
the values of the parameters elaborated in different areas, to give hints for intervention and to provide 
prognoses about future succession in the areas. Furthermore, it is possible to transfer the model to other 
indicators of succession.
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introduction
Nowadays, there is a rising awareness of our natural resources. Management of natu-
ral resources seems to be a key element of sustainable development. Among the many 
types of ecosystems and habitats, degraded areas have acquired special importance, 
particularly with respect to restoration measurements. A crucial aspect of many de-
graded areas seems to be a serious loss in biodiversity (Dobson et al. 1997). Conse-
quently, the improvement of habitat conditions in degraded areas is often required to 
restore or maintain animal and plant communities. Careful management of succes-
sional stages is important with respect to the future development and faunal and floral 
post-disturbance recovery (e.g. Bradshaw 1984; Tilman 1987; Jochimsen 2001). This 
may imply the facilitation or inhibition of the successional process (e.g. Bradshaw 
1983, 1984; Dobson et al. 1997). To carry out restoration efforts in an ecologically 
sound way, knowledge about processes of succession in degraded areas is obviously 
necessary.
Numerous publications focus on the mechanisms and phases of successional pro-
cesses. Alternative pathways of succession are described in the models of Connell and 
Slatyer (1977) and Abrams et al. (1985). Drechsler et al. (2009) describe a disturbance-
succession model combined with a reserve selection algorithm as a tool for conserva-
tion planning. Complex mathematical models of succession are DRYADES (Mailly et 
al. 2000) and LANDIS (He et al. 2005; Scheller et al. 2007). However, for practical 
applications often more simple models are needed, which require relatively little effort 
in terms of data input.
The aim of this paper is to present a simple model established by Schwerk (2008), 
which allows for a description and comparison of the successional process on differ-
ent types of degraded areas. The model will be constructed in two steps. Firstly, based 
on comprehensive field studies the basic parameters of succession in degraded areas 
will be extracted and a conceptual model will be described. Since carabid beetles are 
sensitive to alterations of environmental conditions (Rainio and Niemelä 2003), 
changes in carabid beetle fauna will be used as indicator of the succession process. 
In a second step these parameters will be specified mathematically. Thus, it will be 
possible to quantitatively express differences in succession between different types of 
degraded areas.
Methods
Elaboration of field data
Field data were collected at five different types of degraded areas in Poland, namely 
planted stands on forest soil, naturally regenerated stands on post-agricultural soil, 
planted stands on post-agricultural soil, planted stands on a heap of ashes produced 
by a power station and planted stands on a brown coal mining heap. All of these areas 
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may be regarded as being degraded due to intense forestry or agriculture in the past or 
due to their anthropogenic origin. This results in decreasing timber, ineffective crop 
cultivation or difficulties with respect to restoration measures.
The differences in type of area (origin and soil properties) as well as origin of the 
vegetation constitute initial conditions for succession. The assumption was made that 
these differences will cause different succession trajectories. Thus, distinct phases of 
succession will occur, which are characterised by differences in the speed of succession 
for the different area types.
Study sites of different age were selected for each of the area types. On forest soil 
14 study sites with an age ranging from 21 to 119 years were established. On post-
agricultural soil 13 study sites characterised by natural regeneration of pine with an age 
ranging from 0 to 64 years and 69 study sites on which pine was planted with an age 
ranging from 2 to 119 years were studied. On the ash heap 3 study sites with an age 
ranging from 8 to 14 years and on the mining heap 4 study sites with an age ranging 
from 3 to 23 years were established.
Beetles were collected from 2004–2006. Thus, for each study site three datasets of 
consecutive age were produced. In each year sampling was done during the whole veg-
etation period using pitfall traps (Barber 1931). Since the study sites differed signifi-
cantly in size, different numbers of pitfall traps were installed. A detailed description of 
the study sites and the sampling design is provided by Schwerk (2008) (for a detailed 
description of the study sites see also Appendix I: Description of the study sites).
In the study sites on forest soil and post-agricultural soil, sampling took place 
from mid May to mid September, and for study sites on the ash and mining heaps, the 
sampling periods were mid April to mid October (2004) or the end of April to mid 
October (2005 and 2006), respectively.
Statistical analysis
Mean individual biomass (MIB) of Carabidae (Szyszko 1990; Szyszko et al. 2000) was 
applied to assess the stages of succession. MIB is calculated by dividing the biomass of 
all sampled carabids by the number of specimens caught. According to the observation 
that in habitats of advanced stages of succession carabid species with large individu-
als become dominant, MIB increases as succession progresses. An inverse relationship 
between body size of carabids and degradation of habitats has been demonstrated by 
several authors (e.g. Blake et al. 1994; Magura et al. 2006). MIB has already been ap-
plied successfully in different European countries (e.g. Szyszko et al. 1996; Serrano and 
Gallego 2004; Schwerk et al. 2006; Cárdenas and Hidalgo 2007).
MIB becomes inaccurate with decreasing numbers of individuals. Therefore, 
MIB values calculated from samples with less than 25 individuals are indicated in 
the figures.
Correlations between MIB values and age of the study sites were tested using the 
Spearman rank correlation coefficient (Sachs 1984).
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Results
MIB values
Based on a total of 23,602 individuals of carabid beetles, MIB values were calculated 
for the various study sites. Fig. 1 shows the relationship between the MIB values and 
age of the study sites for the different types of degraded areas.
At stands on forest soil (Fig. 1A) MIB values range from about 50 mg to about 
700 mg. Despite some variability, which may be due to the fact that most values were 
calculated from less than 25 individuals, values are generally high. Even if young study 
sites were not included in the study, there is a significant increase of MIB with age of 
the stands (Spearman rank correlation coefficient, p <0.05). At an age of about 20–40 
years, MIB values were at about 300 mg, but in very old stands, values were above 400 
mg (mean).
The naturally regenerated stands on post-agricultural soil (Fig. 1B) show values 
from about 50 mg to about 400 mg. The significant increase of MIB values with age 
of stands (Spearman rank correlation coefficient, p <0.001) was comparatively even. At 
very young age, MIB values were below 100 mg, at an age between 5 and 10 years they 
were about 100 mg, at an age of about 25 years they were about 200 mg, and at an age 
of about 60 years MIB values were about 250 mg.
Concerning planted stands on post-agricultural soil (Fig. 1C) MIB values range 
from about 50 mg to about 600 mg. There is only one exception (MIB >1,000 mg). 
Here, MIB values increase significantly with age of stands (Spearman rank correlation 
coefficient, p <0.001). Despite high variation within the data a rapid increase during 
the early phase is visible. At very young age, some MIB values exceed 100 mg and at 
an age of 10 years some values already exceed 200 mg. However, after about 20 years 
of forest age MIB values seem to stay at a constant level (a mean of about 250 mg).
On the ash heap (Fig. 1D) almost all MIB values are below 80 mg up to a forest 
age of almost 15 years, which indicates a delay in succession. The one exception, with 
a value of about 120 mg, was calculated based on less than 25 individuals. Here we 
observe no correlation between MIB values and age of stands (Spearman rank correla-
tion coefficient, n.s.).
At the mining heap (Fig. 1E) values range from below 50 mg to about 250 mg. Up 
to about 15 years of forest age all values fall far below 100 mg, indicating a delay in suc-
cession. A significant increase of MIB values with age of stands can be observed (Spear-
man rank correlation coefficient, p <0.001), mainly due to an increase at about 15 years.
Construction of a conceptual model
Despite remarkable variability for some of the types of study areas, characteristic dif-
ferences between the area types can be observed. In advanced stages of succession MIB 
values were highest in planted stands on forest soil and lowest on the brown coal min-
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Figure 1. Relationship between MIB values (mg) and age of stands in A planted stands on forest soil (r = 
0.343, p <0.05), B naturally regenerated stands on post-agricultural soil (r = 0.677, p <0.001), C planted 
stands on post-agricultural soil (r = 0.238, p <0.001), D stands on ash heap (r = 0.025, n.s.) and e stands 
on mining heap (r = 0.839, p <0.001) (Open circles indicate that MIB was calculated from less than 25 
individuals).
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ing heap. Planted stands on post-agricultural soil show a much faster process of suc-
cession during the early phase compared to naturally regenerated stands on the same 
soil type. The post-industrial areas are characterized by an initial delay of succession. 
These differences suggest that the initial conditions (origin of the soil, origin of the 
vegetation) indeed seem to be important parameters determining the future trajectory 
of succession. However, the high variability, particularly in the post-agricultural areas, 
implies that other parameters are important, too. Especially landscape-related aspects, 
e.g. distance from resource habitats of colonizing species, may play a role. E.g., Koivula 
et al. (2002) showed that the degree of heterogeneity of forest landscapes affects the 
catches of forest carabids.
Based on these results the process of succession may be simplified to the following 
elements: An ‘initial degradation level’, a possible ‘delay phase’ in the beginning of 
succession, a more or less ‘steep’ phase of progress of succession (‘increase phase’) and 
a convergence to a kind of ‘recovery level’.
Fig. 2 presents a model integrating the different factors and phases. The important 
factors are type of area (particularly soil characteristics) and origin of vegetation, but 
also landscape-related aspects (sources for settling species, etc.) may have a reasonable 
impact (Schwerk 2008). The ‘initial degradation level’ should depend on area type, 
type of treatment before degradation and type of degradation. At the ‘initial degra-
dation level’ there might be a ‘delay phase’, depending on the type of area to a high 
degree, but also on the treatment (origin of vegetation) and surrounding landscape. 
An important characteristic of the ‘delay phase’ is its duration. The subsequent ‘in-
crease phase’ is characterized by its speed, i.e. the steepness of the curve. It should be 
influenced by similar factors as the ‘delay phase’. Finally, we may define a ‘stagnation 
phase’ in which the succession process runs towards the ‘recovery level’. The ‘recovery 
level’ may be identical to the predisturbance level (Majer 1989). As important factors 
influencing the ‘recovery level’, soil types and surrounding landscape may be assumed.
Quantification of the model
A quantification of the model can be done using MIB to represent the state of succes-
sion. For the construction of a quantitative model it is necessary to comprise math-
ematically (1) the ‘initial degradation level’, (2) the possible ‘delay’ in succession, (3) the 
‘increase rate’ (acceleration), and (4) the deceleration or ‘recovery level’.
The logistic equation (Eq. (1)) has been frequently used to describe growth pro-
cesses, for example growth of populations (e.g. Begon and Mortimer, 1986; for a re-
view on logistic growth models see Tsoularis and Wallace, 2002).
dN/dt = rN(K-N)/K (1)
Taking into account parameters 1, 3, and 4 mentioned above, the logistic equation 
may be useful to describe the process of succession observed in the study sites. N may 
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be regarded as the state of succession defined by the ‘initial degradation level’, r may 
be regarded as ‘increase rate’, and K as ‘recovery level’. An additional parameter has to 
be included, however, which describes a possible ‘delay’ at the beginning of the succes-
sional process (parameter 2).
To receive exact results the analytical solution of Eq. (1) must be used, which is 
provided by Wissel (1989) as follows:
N = ertc/(1+ertc/K) (2)
with
c = N(t=0)/(1-N(t=0)/K) (3)
To describe the ‘delay’, a ‘starting time’ tstart = 0 and a ‘delay time’ tdelay will be de-
fined. Further we define:
t = tstart – tdelay (4)
At t <0 the value of N remains at the ‘initial degradation level’, whereas at t >= 0 
the analytical solution (Eqs. (2) and (3)) is valid.
Applying Eqs. (2), (3) and (4), values for the respective parameters may be speci-
fied for the process of succession in the different area types. A graph visualising the run 
of succession can be easily drawn by selecting values for the four parameters. Fig. 3 
shows the respective graphs together with the MIB values for the area types during the 
Figure 2. Schematic illustration of the model. Succession starts from an ‘initial degradation level’, fol-
lowed by a facultative ‘delay phase’ (characterized by the time of ‘delay’). The optional ‘delay phase’ is 
followed by an ‘increase phase’ (characterized by the ‘increase rate’), and a ‘stagnation phase’ in which the 
succession process runs towards a ‘recovery level’. The type of area, origin of vegetation, and landscape-
related aspects are assumed to influence the trajectory of succession.
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Figure 3. Model graphs based on the parameters in Table 1 for the relationship between MIB values (mg) 
and age of stands for the first 60 years in A planted stands on forest soil, B naturally regenerated stands on 
post-agricultural soil, C planted stands on post-agricultural soil, D stands on ash heap, and e stands on 
mining heap (Open circles indicate that MIB was calculated from less than 25 individuals; broken lines 
indicate that the respective part of the graph cannot be verified due to a lack of data).
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table 1. Parameters used for the model graphs in Fig. 3 (Question marks indicate that the respective 


















Initial degr. Level, MIB (mg) 40? 40 40 40 40
Delay, time (Years) 0? 0 0 10? 10
Increase rate, (time-1) 0.18? 0.18 0.5 0.28? 0.6
Recovery level, MIB (mg) 290 250 250 210? 210
first 60 years of forest age, using the values provided in Table 1. These values, which 
have been chosen in approximation to the empirically elaborated MIB values, seem to 
result in a suitable description of the respective successions. Table 1 shows clear differ-
ences for most of the parameters, particularly the ‘delay’ and ‘increase rate’.
Based on the MIB data an ‘initial degradation level’ of 40 mg (MIB) was chosen 
for all analysed area types. Due to a lack of data this value cannot be verified for stands 
on forest soil. For stands on forest soil as well as post-agricultural soil no ‘delay phase’ 
is given, a fact which is impossible to verify for the forest stands, too. A ‘delay’ exists 
on both post-industrial areas with a value of about 10 years on the mining heap. The 
‘increase rates’ differ strongly. Due a to lack of young study sites it is difficult to specify 
this value for stands on forest soil. Therefore, the same value as for the naturally regen-
erated stand on post-agricultural soil was chosen (0.18). The rapid increase at planted 
stands on post-agricultural soil is represented by a value of 0.5. The increase is even 
faster on the mining heap (value 0.6). Due to a lack of data after 14 years this value 
cannot be specified for stands on the ash heap (the dashed line in Fig. 3D is based on a 
theoretical value of 0.28, see Table 1). The highest ‘recovery level’ is observed for stands 
on forest soil. Taking into account the first 60 years, a ‘recovery level’ of 290 mg (MIB) 
was chosen. Both naturally regenerated as well as planted stands on post-agricultural 
soil show a mean ‘recovery level’ of about 250 mg (MIB) after 60 years. The lowest 
value exists for the mining heap with 210 mg (MIB). Due to a lack of data this value 
cannot be determined for the ash heap.
Discussion and conclusion
The successional patterns in the present study are in line with runs of succession de-
scribed in other publications. Schwerk (2008) compared the trajectory of succession 
on the ash heap and the mining heap with data obtained in a study on a colliery spoil 
heap in Germany and pointed out clear analogies. Majer (1989) reported a strikingly 
similar pattern with respect to data on thrip (Thrysanoptera) recolonisation of Illinois 
surface-mine spoils. Paquin (2008) identified four groups of species in the succession 
in black spruce forests of Eastern Canada after forest fire, which characterise differ-
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ent phases of succession. The first three of them seem to fit the successional phases 
described in the present study.
The mathematical description of the patterns of succession by help of the four 
parameters revealed similarities as well as differences among the different types of areas.
The same ‘initial level’ after degradation was chosen for the different area types. 
However, particularly on forest soil the ‘initial level’ might be elevated when compared 
to the other study sites. For example, Skłodowski (2007) showed less pronounced deg-
radation of forest habitats after a windbreak, probably due to good condition of soil 
litter. Szyszko (1990) described different degrees of degradation after clear-cuts. Broen 
(1965) compared clear-cut areas on sandy soil with those on loamy soil. He showed 
differences in species composition between these two types, with a higher number of 
forest species in the latter.
A ‘delay’ at the beginning of succession seems to be characteristic for post-in-
dustrial areas, particularly those showing primary succession. In the study of Majer 
(1989) a rapid increase in the number of species took place between 10 to 20 years 
after the start of succession. Prach et al. (1993) demonstrated a very low initial rate 
of succession on spoil heaps resulting from brown coal mining. A delayed ecosystem 
development of the ecosystem on post-industrial areas has been reported also by 
Bradshaw (1984, 1987).
According to Horn (1980) succession proceeds rapidly when every species can 
replace every other species more or less stochastically. Succession proceeds slowly 
when species of its early stages first have to change environmental conditions for 
colonization of subsequent species. Since many degraded areas are characterised by 
poor environmental conditions, the facilitation model described by Connell and 
Slatyer (1977) seems to be of special importance on these types of areas. A limit-
ing factor seems to be nutrients, particularly a lack of nitrogen (Bradshaw 1984). 
Depending on previous agricultural practices nutrient contents may vary strongly 
among post-agricultural areas. This may explain the comparatively high variability 
in MIB values observed in this type of areas. The higher ‘increase rate’ in planted 
stands on post-agricultural soil compared to naturally regenerated ones may be 
explained by a facilitation of succession due to the artificial introduction of pine. 
However, rates of early forest succession may also differ between different regions as 
was shown by Yang et al. (2005).
The highest ‘recovery level’ on forest soil indicates most advanced regeneration 
at these study sites. In accordance with these results, several studies (Szujecki et al. 
1983; Szyzsko 1990; Skłodowski 1999) have shown that pine stands on forest soil are 
more developed than stands on post-agricultural land. On the contrary, study sites on 
the mining heap showed the lowest ‘recovery level’. Schwerk (2008) discovered even 
lower MIB values on a colliery spoil heap in Germany after about 40 years. Nagler 
and Wedeck (1998) reported that forest areas on a brown coal mining heap in western 
Germany were not in a natural forest state after 20–30 years. In addition, Majer (1989) 
shows that the number of thrip species on surface mine spoils does not reach the level 
of control areas after 32 years.
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The presented model is of practical value because the four parameters facilitate 
comparisons of successional processes in different areas. A deviation from desired tra-
jectories of succession, e.g. those in undisturbed reference areas, may point to the 
need for intervention. Based on some years of monitoring MIB values in a given study 
site, prognoses may become possible, supported by data from comparable areas. For 
example, the succession on the ash heap will possibly proceed similar to the succession 
on the colliery spoil heap in Germany (Schwerk 2008). Furthermore, it is possible to 
transfer the model to other indicators, which provide numerical values to represent 
the state of succession. Thus, the model can be used in the context of studies that lack 
data on carabid beetles (either because carabids were not studied or because of habitats 
where carabids do not occur, e.g. aquatic habitats).
Acknowledgements
The authors like to thank Karsten Hannig for confirming the identification of difficult 
individuals and Torsten Daiber for his contribution to the analytical solution of the 
model. Two anonymous referees provided helpful comments on a former version of the 
manuscript. Armin Schreiner helped with improving the English of the manuscript. In 
the present study data were used which were collected by our Laboratory of Evaluation 
and Assessment of Natural Resources in the context of the following research subjects 
financed by the General Direction of State Forests (Poland): „Ekologiczna i ekonomicz-
na ocena podnoszenia odporności biologicznej drzewostanów sosnowych na przykła-
dzie powierzchni doświadczalnych Katedry Architektury Krajobrazu SGGW na terenie 
RDLP Piła”, „Badanie zmienności współczynnika SBO w czasie i przestrzeni w drze-
wostanach sosnowych na siedlisku boru świeżego”, „Ekologiczna ocena samosiewów 
sosnowych na terenach otwartych ze szczególnym uwzględnieniem gleb porolnych”, and 
„Ocena zabiegu zwalczania brudnicy mniszki w roku 2003 i wpływu tego zabiegu na 
dynamikę liczebności”. This paper is communication No. 248 of the Laboratory of 
Evaluation and Assessment of Natural Resources, Warsaw University of Life Sciences.
References
Abrams MD, Sprugel DG, Dickmann DI (1985) Multiple successional pathways on recently 
disturbed jack pine sites in Michigan. Forest Ecology and Management 10: 31–48. doi: 
10.1016/0378-1127(85)90012-X
Barber HS (1931) Traps for cave inhabiting insects. Journal of the Elisha Mitchell Scientific 
Society 46: 259–266.
Begon M, Mortimer M (1986) Population ecology. A unified study of animals and plants. 2. 
ed. Blackwell Scientific Publications, Oxford, London, Edinburgh, Boston, Melbourne, 
Paris, Berlin, Vienna, 220 pp.
Axel Schwerk & Jan Szyszko  /  ZooKeys 100: 319–332 (2011)330
Blake S, Foster NG, Eyre MD, Luff ML (1994) Effects of habitat type and grassland manage-
ment practices on the body size distribution of carabid beetles. Pedobiologia 38: 502–512.
Bradshaw AD (1983) The reconstruction of ecosystems. Journal of Applied Ecology 20: 1–17. 
doi: 10.2307/2403372
Bradshaw AD (1984) Ecological principles and land reclamation practice. Landscape Planning 
11, 35–48. doi: 10.1016/0304-3924(84)90016-9
Bradshaw AD (1987) The reclamation of derelict land and the ecology of ecosystems. In: Jor-
dan III WR, Gilpin ME, Aber JD (Eds) Restoration ecology. Cambridge University Press, 
Cambridge, 53–74.
Broen BV (1965) Vergleichende Untersuchungen über die Laufkäferbesiedlung (Coleoptera, 
Carabidae) einiger norddeutscher Waldbestände und angrenzender Kahlschlagflächen. 
Deutsche Entomologische Zeitschrift N. F. 12: 67–82. doi: 10.1002/mmnd.19650120107
Cárdenas AM, Hidalgo JM (2007) Application of the mean individual biomass (MIB) of ground 
beetles (Coleoptera, Carabidae) to assess the recovery process of the Guadiamar Green Cor-
ridor (southern Iberian Peninsula). Biodiversity and Conservation 16: 4131–4146. doi: 
10.1007/s10531-007-9211-5
Connell JH, Slatyer RO (1977) Mechanisms of succession in natural communities and their 
role in community stability and organisation. American Naturalist 111: 1119–1144. doi: 
10.1086/283241
Dobson A, Bradshaw AD, Baker AJM (1997) Hopes for the future: restoration ecology and 
conservation biology. Science 277: 515–522. doi: 10.1126/science.277.5325.515
Drechsler M, Lourival R, Possingham HP (2009) Conservation planning for successional land-
scapes. Ecological Modelling 220: 438–450. doi: 10.1016/j.ecolmodel.2008.11.013
He HS, Li W, Sturtevant BR, Yang J, Shang BZ, Gustafson EJ, Mladenoff D (2005) LANDIS 
4.0 users guide. LANDIS: a spatially explicit model of forest landscape disturbance, man-
agement, and succession. Gen. Tech. Rep. NC-263. St. Paul, MN: U.S. Department of 
Agriculture, Forest Service, North Central Research Station, 93 pp.
Horn HS (1980) Sukzession. In: May RM (Ed) Theoretische Ökologie. Verlag Chemie, Wein-
heim, Deerfield Beach, Basel, 167–182.
Jochimsen ME (2001) Vegetation development and species assemblages in a long-term recla-
mation project on mine spoil. Ecological Engineering 17: 187–198. doi: 10.1016/S0925-
8574(00)00158-0
Koivula M, Kukkonen J, Niemelä J (2002) Boreal carabid-beetle (Coleoptera, Carabidae) as-
semblages along the clear-cut originated succession gradient. Biodiversity and Conserva-
tion 11: 1269–1288. doi: 10.1023/A:1016018702894
Magura T, Tóthmérész B, Lövei G (2006) Body size inequality of carabids along an urbanisa-
tion gradient. Basic and Applied Ecology 7: 472–482. doi: 10.1016/j.baae.2005.08.005
Mailly D, Kimmins JP, Busing RT (2000) Disturbance and succession in a coniferous forest of 
northwestern North America: simulations with DRYADES, a spatial gap model. Ecologi-
cal Modelling 127: 183–205. doi: 10.1016/S0304-3800(99)00208-2
Majer JD (1989) Long-term colonization of fauna in reclaimed land. In: Majer JD (Ed) Ani-
mals in primary succession. The role of fauna in reclaimed lands. Cambridge University 
Press, Cambridge, New York, Port Chester, Melbourne, Sydney, 143–174.
Model of succession in degraded areas based on carabid beetles (Coleoptera, Carabidae) 331
Nagler M, Wedeck H (1999) Über den ökologischen Zustand der Waldflächen auf der Hoch-
kippe „Vollrather Höhe“ Grevenbroich 20–30 Jahre nach der Rekultivierung. In: Pflug W 
(Ed) Braunkohlentagebau und Rekultivierung. Landschaftsökologie – Folgenutzung – Na-
turschutz. Springer Verlag, Berlin, Heidelberg, New York, 269–288.
Paquin P (2008) Carabid beetle (Coleoptera: Carabidae) diversity in the black spruce suc-
cession of eastern Canada. Biological Conservation 141: 261–275. doi: 10.1016/j.bio-
con.2007.10.001
Prach K, Pyšek P, Šmilaur P (1993) On the rate of succession. Oikos 66: 343–346. doi: 
10.2307/3544823
Rainio J, Niemelä J (2003) Ground beetles (Coleoptera: Carabidae) as bioindicators. Biodiver-
sity and Conservation 12: 487–506. doi: 10.1023/A:1022412617568
Sachs L (1984) Angewandte Statistik: Anwendung statistischer Methoden. (6th ed.). Springer, 
Berlin, Heidelberg, New York, Tokyo, 522 pp.
Scheller RM, Domingo JB, Sturtevant BR, Williams JS, Rudy A, Gustafson EJ, Mladenoff DJ 
(2007) Design, development, and application of LANDIS-II, a spatial landscape simula-
tion model with flexible temporal and spatial resolution. Ecological Modelling 201: 409–
419. doi: 10.1016/j.ecolmodel.2006.10.009
Schwerk A (2008) Model of the rate of succession of epigeic carabid beetles (Coleoptera: Car-
abidae) on degraded areas. Instytut Badawczy Leśnictwa, Sękocin Stary, 71 pp.
Schwerk A, Sałek P, Duszczyk M, Abs M, Szyszko J (2006) Variability of Carabidae in time and 
space in open areas. Entomologica Fennica 17: 258–268.
Serrano J, Gallego D (2004) Evaluación de la regeneración y el estado de salud de las masas 
forestales de Sierra Espuńa (Murcia) mediante el análisis de la biomasa media individual en 
coleópteros carábidos. Anales de Biología 26: 191–211.
Skłodowski J (1999) Ocena stanu fauny biegaczowatych (Carabidae, Col.) borów sosnowych 
Puszczy Człuchowskiej po dwudziestu latach. SYLWAN CXLIII: 67–89.
Skłodowski J (2007) Monitoring zooindykacyjny pohuraganowych zniszczeń Puszczy Piskiej 
oparty na biegaczowatych (Coleoptera, Carabidae). In: Skłodowski J (Ed) Monitoring 
zooindykacyjny pohuraganowych zniszczeń ekosystemów leśnych Puszczy Piskiej. Warsaw 
Agricultural University Press, Warsaw, 113–149.
Szujecki A, Szyszko J, Mazur S, Perliński S (Eds) (1983) The process of forest soil macrofauna 
formation after afforestation of farmland. Warsaw Agricultural University Press, Warsaw, 
196 pp.
Szyszko J (1990) Planning of prophylaxis in threatened pine forest biocoenoses based on an 
analysis of the fauna of epigeic Carabidae. Warsaw Agricultural University Press, Warsaw, 
96 pp.
Szyszko J, Vermeulen HJW, den Boer PJ (1996) Survival and reproduction in relation to habi-
tat quality and food availability for Pterostichus oblongopunctatus F. (Carabidae, Col.). 
Acta Jutlandica 71: 25–40.
Szyszko J, Vermeulen HJW, Klimaszewski K, Abs M, Schwerk A (2000) Mean individual bio-
mass (MIB) of ground beetles (Carabidae) as an indicator of the state of the environment. 
In: Brandmayr P, Lövei G, Zetto Brandmayr T, Casale A, Vigna Taglianti A (Eds) Natural 
history and applied ecology of carabid beetles. Pensoft Publishers, Sofia-Moscow, 289–294.
Axel Schwerk & Jan Szyszko  /  ZooKeys 100: 319–332 (2011)332
Tilman D (1987) Secondary succession and the pattern of plant dominance along experimental 
nitrogen gradients. Ecological. Monographs 57: 189–214. doi: 10.2307/2937080
Tsoularis A, Wallace J (2002) Analysis of logistic growth models. Mathematical Biosciences 
179: 21–55. doi: 10.1016/S0025-5564(02)00096-2
Wissel C (1989) Theoretische Ökologie. Eine Einführung. Springer Verlag, Berlin, Heidelberg, 
New York, 299 pp.
Yang Z, Cohen WB, Harmon ME (2005) Modeling early forest succession following clear-
cutting in western Oregon. Canadian Journal of Forest Research 35: 1889–1900. doi: 
10.1139/x05-132
Appendix i
Description of the study sites (doi: 10.3897/zookeys.100.1534.app) File format: Mi-
crosoft Excel Spreadsheet (xls).
Explanation note: The additional file contains a table with the main characteristics 
of the study sites (enumeration according to Schwerk 2008, data on age relate to the 
year 2004, age values of “0” and “1” relate to an active management of the respective 
study sites).
Copyright notice: This dataset is made available under the Open Database License 
(http://opendatacommons.org/licenses/odbl/1.0/). The Open Database License (ODbL) 
is a license agreement intended to allow users to freely share, modify, and use this Dataset 
while maintaining this same freedom for others, provided that the original source and 
author(s) are credited.
